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Abstract
Biodiversity differentials between macrobenthic assemblages associated with adjacent
intertidal and subtidal areas of a single seagrass system were investigated for the first time.
Assemblage metrics of conservation relevance—faunal abundance and its patchiness,
faunal richness, and beta diversity—were examined at four contrasting dwarf-eelgrass
localities in the Knysna estuarine bay, part of South Africa’s Garden Route National Park
but a system whose intertidal areas are heavily impacted anthropogenically. Faunal
assemblages were significantly different across all localities and between subtidal and
intertidal levels at each locality although their taxonomic distinctness was effectively
constant. Although, as would be expected, there were clear trends for increases in overall
numbers of species towards the mouth at all levels, few generalities relating to the relative
importance of the subtidal seagrass habitat were evident across the whole system—mag-
nitude and direction of differentials were contingent on locality. Shore-height related
differences in assemblage metrics were minor in the estuarine and lagoonal zones but
major in the marine compartment, although the much greater subtidal faunal abundance
there was largely consequent on the superabundance of a single species (the microgas-
tropod Alaba pinnae), intertidal zones then displaying the greater species diversity due to
greater equitability of species densities. Along its axial channel, the Knysna subtidal
seagrass does not support richer versions of the intertidal polychaete-dominated assem-
blages fringing it; instead, it supports different and more patchily dispersed gastropod-
dominated ones. At Knysna at least, the subtidal hardly constitutes a reservoir of the
seagrass biodiversity present intertidally.
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Introduction
Seagrass is markedly under-appreciated, for example receiving\ 1.5% of the total media
attention devoted to coastal systems, compared to coral reef’s 72.5% (Duarte et al. 2008;
Dennison 2009; van Keulen et al. 2018). Yet it plays one of the planet’s most important
ecosystem-service roles (Costanza et al. 2014). Although assessment of all the services
provided by seagrass beds is still incomplete (Barbier et al. 2011; Nordlund et al. 2018),
not least because they vary from region to region and from species to species (Nordlund
et al. 2016), they have been estimated (in 2007 units) to be worth US$ 29,000 ha–1 year-1
or a total of 5–6 trillion US$ year-1—a per unit area value exceeded only by coral reefs
and tidal marshes/swamps. Amongst other services (Barbier et al. 2011; Dewsbury et al.
2016), seagrasses (i) stabilise coastal sediments and prevent erosion, (ii) reduce water
velocities, (iii) trap nutrients and organic molecules, (iv) shelter and feed juvenile nektonic
prawns and fish of commercial importance and the adults of iconic but vulnerable dugong,
green turtles and syngnathid fish; and (v) sequester carbon. Indeed, per annum, 1 ha of
seagrass can sequester carbon equivalent to that emitted by a car travelling 3350 km,
making it a globally significant carbon stock with an average of some 14 kg buried C m-2,
and it can absorb the nutrients released in the treated effluent of 200 people (McKenzie and
Yoshida 2013; Adams 2016; Lefcheck et al. 2019; Githaiga et al. 2019). In spite of these
known benefits, however, anthropogenic destruction of seagrass beds continues at a very
high rate, i.e. a global loss of 7% year-1 since 1990 (Waycott et al. 2009), and this could be
releasing 300 Tg of blue carbon annually (Fourqurean et al. 2012).
Of all seagrass-supporting coastal systems, those under greatest threat are the shallow,
sheltered, estuarine ones semi-enclosed by land (Barbier et al. 2011; Gubbay 2016). From
the temperates to sub-tropics, the dominant seagrass in these is dwarf-eelgrass—species of
the Zostera subgenus Zosterella in the classification accepted by the World Register of
Marine Species or of Nanozostera in the recent revision of the Zosteraceae of Coyer et al.
(2013). In many such areas, dwarf-eelgrass naturally carpets the intertidal zone but is
replaced subtidally by other types of seagrass, for example by Zostera (subgenus Zostera)
in the north temperate zone or by Cymodocea, Posidonia or Halodule in warmer regions
(e.g. Lee et al. 2006; Short et al. 2007). In South Africa, however, in the absence of
characteristically subtidal seagrass genera (den Hartog and Phillips 2001), the local dwarf-
eelgrass species, Z. (or N.) capensis, continues into the sublittoral to depths of up to 6 m
below low-water spring-tide level (LWS) (Short et al. 2011), and at Knynsa such subtidal
beds occupy 130 ha or 30% of its total local area (Wasserman et al. 2020). Z. capensis is a
IUCN red-listed ’vulnerable’ and ’decreasing’ species (Short et al. 2010, 2011) and on the
basis of its acreage at Knysna (as calculated by Wasserman et al. 2020) and that for the
whole of southern Africa (as estimated by Adams 2016), this one Knysna locality currently
supports[ 40% of its South African and[ 20% of its world total, mostly in its outer
marine embayment (CES 2009; Wasserman et al. 2020).
The warm-temperate Knysna estuarine bay lies within the open-access Garden Route
National Park and is therefore a Protected Area under the South African National Envi-
ronmental Management: Protected Areas Act, 2003 (Act No. 57 of 2003). It has not,
however, been designated a Marine Protected Area, notwithstanding that it is ranked South
Africa’s premier estuary in terms of its biodiversity and overall conservation importance
(Turpie and Clark 2007; Van Niekerk et al. 2019). Seagrasses are subject to many pres-
sures (Gubbay 2016; Mvungi and Pillay 2019; Unsworth et al. 2019) and at Knysna two of
the main ones are green-algal blooms (Human et al. 2016; Barnes 2019a; Pollard et al.
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2019) and heavy exploitation for bait largely for subsistence and recreational fishing
(Hodgson et al. 2000a; Napier et al. 2009; Simon et al. 2019; Claassens et al. 2020).
South African National Parks (SANParks) has formally declared part of the system a
no-take bait reserve, but it is clear that in practice bait-harvesting takes place there too
(Simon et al. 2019) (Fig. 1). Most is carried out artisanally for the mudprawn Upogebia,
and Hodgson et al. (2000a) recorded some 3400 mudprawn-collection visits per annum to
each of a sample of six (seagrass and non-seagrass) sites at Knysna. Their data suggest
that[ 30,000 plugs and corresponding holes created by ’pushing’ for the prawns are
scattered over the surface of each site each year (Fig. 1a–c). An even more disruptive
procedure is illegal trenching (Fig. 1d) for deep-burrowing worms such as Marphysa and
Gorgonorhynchus (often at night to avoid detection, especially within the no-take zone);
individual trenches of up to 7 9 2 m have been recorded (Hodgson et al. 2000a).
Both these procedures and the associated trampling are a source of conservation concern
(Mucina et al. 2006; Claassens et al. 2020), although permits are still issued for legal
prawn-pumping in the Knysna seagrass outside the bait reserve. These permits restrict the
number of animals that may be collected, but not the number of pumping attempts (it takes
up to 10 attempts to catch each prawn; Hodgson et al. 2000a), so that the basis of the
control seems to be safeguarding of the Upogebia population not of the seagrass habitat. Of
the two, however, it is the Z. capensis that has by far the more limited extent and the more
urgent need of conservation; the mudprawn has been described as being ’often the most
abundant macrobenthic invertebrate in South African warm temperate open estuaries’
Fig. 1 Destructive effects of bait-collecting activities on intertidal seagrass habitat in the ’no-take bait
sanctuary’ section of the Knysna estuarine bay: a the hole and jettisoned plug created by pushing for
mudprawns; b a substratum pock-marked by such prawn pushing and, c the resultant plugs scattered over the
seagrass surface; d an area of seagrass destroyed by trenching for bait worms
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(Hodgson et al. 2000b, p. 187). Unfortunately, relatively little conservation attention is
directed specifically to the seagrass habitat throughout the entire Indo-West-Pacific region
(Unsworth and Cullen 2010).
As in other South African estuaries (Schlacher and Wooldridge 1996), the effects on the
Knysna seagrass beds of such legal and illegal bait collection extend to LWS but for
practical reasons such exploitation is not conducted subtidally. Unlike some highly
eutrophic estuarine bays, e.g. parts of Narragansett Bay in the USA (Thornber et al. 2017),
neither do Knysna chlorophyte blooms appear to extend into the subtidal zone (Allanson
et al. 2016; and pers. obs.), in some measure because although Knysna is a microtidal
system (spring tidal range & 1.8 m) it has a very large tidal prism (at spring tide of
19 9 106 m3) (Allanson et al. 2000), causing flushing of its main channel semi-diurnally.
Therefore an important question is whether in systems like that at Knysna subtidal
meadows form a natural refuge for the rich faunal biodiversity supported by seagrass.
There are immense logistic and social problems in South Africa associated with pre-
venting illegal and restricting legal bait-harvesting, especially in areas of high unem-
ployment where subsistence fishing provides the main or only source of protein (Branch
et al. 2002; Napier et al. 2009) and the local intertidal provides the only source of bait.
Therefore the natural protection of biodiversity potentially afforded by permanent water
cover could make all the difference between its conservation or loss in exploitable areas. It
appears, however, that comparison of the macrofaunal assemblages supported by adjacent
subtidal and intertidal areas of a single seagrass species or system has never been
undertaken. Hence the present study seeks for the first time to examine and quantify any
differences in features of conservation relevance—faunal composition and overlap, overall
abundance and its patchiness, and biodiversity—in the macrobenthic assemblages asso-
ciated with adjacent inter- and subtidal sections of seagrass beds.
Methods
Sample collection and processing
Macrofaunal sampling was conducted over a 10 week period during the 2020 austral
summer in the Z. capensis beds of the Knysna estuarine bay, the research being approved
by SANParks, and conducted in accordance with their scientific research regulations and
requirements. Four localities on or near the main channel (Fig. 2) were sampled each at
two replicate sites, c. 200 m apart, and each site comprised two immediately adjacent
stations: (a) an intertidal one at or near LWS; and (b) one at a subtidal depth of some 1.5 m
below LWS. Each station was represented by 16 core samples, each of 0.0054 m2 area and
100 mm depth, with samples being located some 1 m apart parallel to the shoreline.
Intertidal stations were sampled before complete tidal ebb whilst the substratum was still
covered by at least 15 cm of water, and the subtidal ones by snorkelling. The four localities
were selected to represent areas along the long axis of the estuarine bay with contrasting
hydrographic regimes (Largier et al. 2000) and significantly different intertidal seagrass
macrofaunas (Barnes 2013a), i.e. Westford (’estuary’), Belvedere (’lagoon’), Brenton (’-
marine embayment’), and Steenbok (’sandy mouth’) (see Fig. 2). All sites supported
extensive swards of Z. capensis sometimes with a little Halophila ovalis, although the
Westford estuarine sward was only in the form of a linear strip because of the steepness of
the shore. The mixed beds of Zostera and algae (mainly Caulerpa filiformis and the alien
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Aspargopsis taxiformis) that dominate large areas subtidally, particularly in the lagoon
(Claassens et al. 2020), were avoided because of potentially confounding variables.
Cores were gently sieved (’puddled’) through 710 lm mesh on site. This sampling
procedure collects the smaller and more numerous members of the macrofauna that con-
stitute the large majority of invertebrate biodiversity (Bouchet et al. 2002; Albano et al.
2011), though not the meiofauna nor much scarcer megafauna nor sessile animals attached
to the seagrass leaves. Warwick et al. (2006) have shown that different patterning rules
may apply to meiofauna and macrofauna, and likewise Davidson et al. (2004) and
Leopardas et al. (2014) to sessile species. Sessile or semi-sessile species such as Hal-
campaster teres and Siphonaria compressa that had accidentally become detached from the
Fig. 2 Position of the study localities and of the ecological/hydrographic subdivisions along the axial
channel of the Knysna estuarine bay (after Barnes 2013a, 2019b) (Google Earth Pro satellite image). The
extent of seagrass cover in the mouth region varies; in 2020 very little was present seaward of the Steenbok
locality
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seagrass leaves during sampling were therefore ignored. All intertidal stations showed
clear signs of being pumped or pushed for mudprawns.
Retained material from each core: (i) was placed in a large polythene bag or bucket of
local estuarine water within which all seagrass was shaken vigorously to dislodge all but
sessile animals; (ii) was then re-sieved and transported immediately to a local laboratory,
and (iii) was there placed in a 30 9 25 cm white tray over a light source in which the
living fauna was located by visual examination using 3.5 9 magnifying spectacles until no
further animal could be observed.
Animals were identified to species level wherever possible, with all organismal
nomenclature being as listed in the World Register of Marine Species (www.
marinespecies.org), accessed March 2020, except in respect of the currently genus-less
microgastropods ’Assiminea’ capensis and ’A’. globulus (see Barnes 2017). It should be
noted, however, that the specific identity of several animals, especially amongst the
Polychaeta, is questionable because of lack of recent revision; those of South African taxa
of Polycladida, Oligochaeta and Nemertini, and many members of other groups less than
3–4 mm in largest dimension, are virtually unknown. Such animals were treated as mor-
phospecies, an operationally appropriate procedure to detect spatial patterns of numbers of
species and their differential abundance (Dethier and Schoch 2006; Gerwing et al. 2020).
After stage (i) above, some seagrass material from each station was retained to check
whether the subtidal versus intertidal differences in dwarf-eelgrass shoot density and leaf
length at Knysna conformed to the generalities documented for Z. capensis by den Hartog
(1970) and later authors (e.g. Adams and Talbot 1992).
Some data on seagrass macrofaunal assemblage metrics and composition at somewhat
higher shore levels, between LWS and mean low water (MLW), are also available from
historical datasets at our disposal from previously published studies (Barnes and Hendy
2015a; Barnes 2019b), having recently been collected in identical fashion and at the same
time of year at or near the four localities: at Westford in 2019 and at Belvedere and
Brenton in 2015. Only small sparse patches of Zostera occur at higher tidal levels at
Steenbok, but 2019 data are available for a nearby sandy mouth-region site at Bollard Bay,
only 200 m seaward. Datasets of 32 cores per locality from these additional intertidal
stations were also analysed with those specified above, i.e. forming a third tidal height at
each locality.
Analyses
Numbers of each component zoobenthic species at each station and site were subjected to
similarity analysis, and assemblage metrics per unit area were derived and compared via
PAST 3.24 (Hammer et al. 2019), all based on abundance not occupancy data (Beck et al.
2013).
Univariate metrics assessed were: (i) overall faunal numbers per unit area, (ii) observed
numbers of species per unit area, N0 [i.e. ’species density’ sensu (Gotelli and Colwell
2001)], (iii) a-diversity, (iv) relative evenness (= equitability), (v) taxonomic distinctness
(D*) (Clarke and Warwick 1998), and (vi) patchiness of overall macrofaunal abundance.
Alpha-diversities were measured as Hill’s N2 (Hill 1973) an ’effective number of species’
measure (Daly et al. 2018) that is generally insensitive to both spatial grain/extent and size
of species pool; relative evenness was measured by Pielou’s J. As previously at Knysna
(Barnes 2019b), patchiness in spatial abundance of the macrofaunal associations at each
site and station was quantified by spatial point pattern analysis using Lloyd’s (1967) index
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of patchiness. This index is independent of sample size over a wide range of area (Lloyd
1967) provided that the animals position themselves at random with respect to each other
within a patch and that patches are large relative to sample (i.e. core) size. Statistical
significance of any detected patchiness (i.e. when IP[ 1) was determined by Morisita’s F0
test. Correlations were assessed using Spearman’s rank coefficient q.
Comparison of univariate assemblage metrics in adjacent intertidal and subtidal stations
at the various sites used Wilcoxon matched-pairs signed rank tests with associated exact
P values computed by complete enumeration of all possible reassignments of values to
columns within each pair. Multivariate comparison of macrofaunal assemblage composi-
tion used hierarchical clustering analysis of S17 Bray–Curtis similarity (Legendre and
Legendre 1998), ANOSIM, SIMPER, and ordination by non-metric multidimensional
scaling (nMDS) carried out both on untransformed species abundances and on standardised
numbers per unit area (i.e. adjusted to percentages of the unit totals) to express solely
relative taxonomic composition, both with 9999 permutations. Overlaps in quantitative
assemblage composition between adjacent horizons were measured by Morisita’s overlap
index. All multivariate analyses were based on balanced datasets with sample sizes
of[ 250 animals, well above the minimum number recommended by Forcino et al.
(2015).
Results
Two-way ANOSIM of untransformed, of cube-root transformed, and of standardised
abundances at the four localities all indicated significant dissimilarities between assem-
blage composition both along the estuarine axis and in relation to shore height horizon
(P\ 0.0001 in all cases) with locality having the greater overall effect (locality
R = 0.77–0.91, position on the shore R = 0.50–0.53, dependent on transformation). The
differential abundance of just five of the 116 species encountered in the seagrass (the
gastropods Alaba pinnae and Nassarius kraussianus, the polychaetes Simplisetia ery-
thraeensis and Prionospio sexoculata, and the asteroid Parvulastra exigua) were respon-
sible for generating 54% of this overall pattern; that of A. pinnae alone accounting for 29%
(SIMPER).
The greater importance of locality in influencing assemblage composition is also shown
in ordination by non-metric multidimensional scaling of the data (Fig. 3). With one
exception, the various sites cluster into two groups, an upstream Westford ? Belvedere
(estuarine ? lagoonal) group and a downstream Brenton ? Steenbok (marine) group; only
the MLW-LWS site at Brenton is in the ’wrong’ place, clustering instead with Westford
and Belvedere. The same result was obtained with standardised data and after excluding
from the downstream dataset the overwhelmingly local dominant Alaba. The major faunal
change that occurs between Belvedere and Brenton is also highlighted by the values of
one-way ANOSIM R and of Morisita’s overlap index between adjacent localities shown in
Table 1. The mean value of Morisita’s overlap index within each of the West-
ford ? Belvedere and the Brenton ? Steenbok localities was 0.452 (SE 0.056) whereas
that between the two blocks was 0.155 (SE 0.036).
Whilst taxonomic distinctness displayed little variation with either locality or shore
horizon, and species density consistently showed increasing values at all horizons from the
estuarine Westford to the most marine Steenbok [the subtidal zone thus following the
general axial estuarine pattern demonstrated earlier for the Knysna intertidal assemblages
(Barnes 2013a)], the other assemblage metrics all also displayed a change between
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Fig. 3 Pattern of compositional similarity between the untransformed abundances of seagrass macrobenthos
at the three studied shore heights at each of four localities along the Knysna estuarine bay, as indicated by
ordination by non-metric multidimensional scaling of superimposed site-average S17 Bray–Curtis values.
Using species abundances adjusted to percentages of each site total yielded the same pattern. Envelopes
enclose sites clustered at the stated levels of Bray–Curtis similarity. Key: E—estuary (Westford), L—lagoon
(Belvedere), B—bay (Brenton), M—mouth (Steenbok); 1—subtidal, 2—LWS interface, 3—intertidal
Table 1 Similarities between Zostera capensis faunal assemblages in the Knysna estuarine bay, (A) across
adjacent shore horizons at given localities and (B) between adjacent localities at given shore horizons, as
estimated by ANOSIM R dissimilarity and Morisita’s overlap index M
A Subtidal: LWS interface LWS interface: intertidal
Westford R = 0.84 R = 0.14
M = 0.29 M = 0.88
Belvedere R = 0.35 R = 0.51
M = 0.80 M = 0.49
Brenton R = 0.31 R = 0.82
M = 0.82 M = 0.25
Steenbok R = 0.54 R = 0.28
M = 0.20 M = 0.61
B Westford: Belvedere Belvedere: Brenton Brenton: Steenbok
Subtidal R = 0.32 R = 0.51 R = 0.03
M = 0.60 M = 0.08 M = 0.99
LWS interface R = 0.63 R = 0.97 R = 0.61
M = 0.48 M = 0.07 M = 0.33
Intertidal R = 0.78 R = 0.87 R = 0.61
M = 0.25 M = 0.20 M = 0.47
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Belvedere and Brenton (Fig. 4). Overall abundance and macrofaunal patchiness showed
relatively small and inconsistent variation down the shore in the upstream stretch, but
distinctly greater values subtidally in the larger downstream section. Likewise, equitability
and N2 species diversity showed relatively small and inconsistent variation upstream but at
Fig. 4 Relative magnitudes of the overall values per locality of the six assessed faunal assemblage metrics
in the seagrass along the Knysna estuarine bay at the three shore horizons. Each column is derived from 32
core samples. Key: white bars (S)—subtidal; shaded bars (L)—LWS interface; black bars (I)—MLW-LWS
intertidal
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Brenton and Steenbok both species diversity and equitability were much lower in the
subtidal, because of domination of the species-rich fauna by Alaba.
Although position along the estuarine axial gradient was clearly the dominant struc-
turing factor, differences due to shore height were also apparent, notwithstanding that these
also varied in magnitude and position from area to area (Table 1). For example, at
Westford and Steenbok, the greatest change occurred between the subtidal and LWS
horizons but at Belvedere and Brenton it occurred between LWS and higher up the
intertidal zone. Values from the four sites showed that the subtidal horizon displayed
consistently the larger levels of overall abundance, species density, taxonomic distinctness
and patchiness than the adjacent LWS level (Wilcoxon W = 21–36; P\ 0.04), and sig-
nificantly lower values of N2 diversity and equitability (Wilcoxon W = 32–36; P\ 0.03).
It was notable that all observed intertidal and LWS values of patchiness were within the
homogeneous range demonstrated for Knysna by Barnes (2019b), whereas those from the
subtidal were well outside it, being both larger and more variable (a mean value of 1.46
and SE of 0.20). Overall, the Knysna subtidal zone supported 102 species and a faunal
density of 15,900 m-2, whilst the MLW-LWS intertidal zone contained 67 species at a
density of 5475 ind m-2, and the LWS interface a very similar 69 species and 5714 ind
m-2. As observed elsewhere (see ‘‘Discussion’’ section), there were also marked and
consistent differences between the nature of the Zostera leaves in the subtidal and at LWS
(Wilcoxon W = 36; one-way P\ 0.0004): subtidal leaves were[ 35 cm long and
occurred at a density\ 26 core-2, whereas LWS ones were\ 11 cm long and had a mean
density[ 47 core-2.
Faunal assemblage composition changed taxonomically with shore height. Subtidally,
the microgastropod Alaba accounted for 74% of all animals; Alaba plus three other
molluscs (the gastropods N. kraussianus and ’Assiminea’ capensis, and the bivalve Ar-
cuatula capensis) comprised 84% of the total; and those four together with the asteroid P.
exigua formed 85.5%. Not surprisingly in the light of these numbers, molluscs contributed
86.4% of the total subtidal individuals, with crustaceans 7.3% and annelids 4.0%; and these
three taxa also comprised 27%, 32% and 35% of the number of species, respectively.
Although considerably less abundant upstream, the dominant Alaba occurred subtidally
along the whole length of the estuarine bay. Where they co-occurred, numbers of A. pinnae
correlated positively with those of the similarly microphytobenthically-grazing but larger
Gibbula cicer (q = 0.44; P  0.00001) but negatively with those of P. exigua
(q = - 0.43; P  0.00001) which also forages on the same type of microalgal resources.
In considerable contrast, assemblages in the intertidal seagrass at MLW-LWS at the four
localities were dominated by polychaetes both in terms of individual animals (46.4%) and
of species (40.3%), followed by molluscs (34.6% and 25.4%, respectively), with crus-
taceans third with 10.6% and 25.4%. At this higher intertidal level, dominance was shared
between many more species, 18 together comprising 85% of total numbers (six of the top
10 being polychaetes, of which S. erythraeensis, P. sexoculata and Caulleriella capensis
were especially numerous). As might be expected, the fauna at the LWS interface was to
some extent intermediate in nature, molluscs, for example, comprising 49.7% of individ-
uals, although polychaetes showed peak numbers of species (51.9%) there; the number of
species together comprising 85% of the total individuals was 17 respectively (7 polychaete,
5 mollusc and 4 crustacean).
Average SIMPER dissimilarity between the subtidal and above LWS intertidal
assemblages was 88.5%, with 85% of this dissimilarity being due to the subtidal seagrass
supporting more of the molluscs Alaba, Nassarius, Arcuatula and ’Assiminea’, and more of
the crustaceans Grandidierella, Paratylodiplax, Hymenostoma and ?Cylindroleberis, but
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less of the asteroid Parvulastra, of the polychaetes Simplisetia, Prionospio, Caulleriella,
Paradoneis, Orbinia, Pseudopolydora and Cirriformia, of the mollusc Macoma, and of the
crustacean Danielella. Of these, only Paratylodiplax was found solely in the subtidal
habitat.
A particularly notable animal observed subtidally at Steenbok was the small, warm-
water seagrass nerite Smaragdia souverbiana, widespread in the Indo-West Pacific but
never previously recorded this far south in South Africa. Six individuals were encountered,
each in a different sample, and a further two[ 1 km away at another site (there together
with the very poorly-known rissooid Alvania argentea), so that it was not an isolated
occurrence; presumably, like other species, it has been extending its range southwards
from KwaZulu Natal consequent on rising global temperatures.
Discussion
Comparison of faunal data from dwarf-eelgrass beds above and below the low tide mark is
not a strictly like-with-like process, in that periodic emergence versus permanent sub-
mergence involves changes in a wide range of habitat variables besides degree of water
cover. As also seen in several other seagrass genera (Apichanangkool and Prathep 2014),
permanently-submerged (and/or highly sheltered) dwarf-eelgrass plants differ from peri-
odically-emergent (and/or exposed ones) in their leaf morphology and shoot densities.
Leaves of submerged and relatively sheltered ramets of Zostera (Zosterella) are consid-
erably longer and broader (Young and Kirkman 1975; Schanz and Asmus 2003): in gen-
eral, subtidal Z. capensis may have leaves[ 1 m long and 2.5 mm wide, whereas those
growing intertidally and in exposed conditions may be only 2 cm long and\ 1 mm wide
(den Hartog 1970). Characteristically, many intertidal beds also have a considerably
greater shoot density (12–20 9) than subtidal ones (Adams and Talbot 1992; Peralta et al.
2000; Lee et al. 2006; etc.). The dwarf-eelgrass plants at Knysna were typical in both these
respects, and, also allowing for subtidal/intertidal differences in sediment deposition and
retention (e.g. Bos et al. 2007; Braat et al. 2018) and the effects of salinity on shoot size
and density and on allocation of resources to subsurface biomass (Maxwell et al. 2014), the
nature of the two habitat types might be expected differentially to affect animal numbers,
both of individuals and potentially of species (Stoner 1980; Attrill et al. 2000; Lee et al.
2001; Leopardas et al. 2014). Confounding variables therefore do not permit the present
study to address causal hypotheses, including the specific effect of bait harvesting in
structuring the Knysna macrobenthos. Nevertheless, the comparisons undertaken were
sufficient to demonstrate consistent differences in faunal assemblage attributes between
inter- and subtidal areas of dwarf eelgrass beds, i.e. in abundance, biodiversity and species
composition, and to indicate that the magnitude of these metrics changes along the long
axis of the estuarine bay. These differences were all very much more marked than those
demonstrated between equivalent macrofaunal assemblages characterising different spe-
cies of seagrass at a single locality in subtropical Queensland (Barnes 2020).
There was no evidence that the subtidal zone supported a qualitatively different faunal
assemblage to that occurring in adjacent intertidal areas in any given region. Of the various
species present in any significant numbers, only the camptandriid crab Paratylodiplax
algoensis and trochid snail Gibbula cicer were found solely there, although they have
occasionally been found in the low intertidal at other points and at other times in Knysna
(Barnes and Ellwood 2011; Barnes and Hendy 2015a). P. algoensis is a species known
largely to be restricted to subtidal regions where it appears to replace the related intertidal
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Danielella edwardsii (Emmerson 2016). All other species that led to the significant dif-
ferences in assemblage composition showed only quantitative variation. These were not a
random assortment of species, however: of the 18 most responsible for the observed
difference, seven of the ten mainly intertidal animals were polychaetes and all eight of the
mainly subtidal forms were molluscs or crustaceans. With one exception, these intertidally
based species were also infaunal, whereas all but one of the subtidal ones were epifaunal
(or possibly two, in that the precise benthic life style of the large ostracod ?Cylindroleberis
is unknown). Sub-surface biomass of Z. capensis usually greatly exceeds that extending
into the water column (Hanekom and Baird 1988; Paula et al. 2001), and granted that its
subtidal leaves can (and at Knysna did) exceed 1 m in length (den Hartog 1970) and
occurred at up to almost 5000 shoots m-2, the associated root/rhizome mass of subtidal
seagrass is very large and can occupy most of the near-surface sediment. This may well
account for the restriction in numbers of infaunal polychaetes subtidally (Hughes et al.
2000). Even the smaller subsurface biomass of intertidal seagrass may affect the numbers
of burrowing worms in that there was a marked increase in their abundance after local loss
of the eelgrass on the shores of Knysna’s Steenbok Channel (Barnes 2019a; and see Pillay
et al. 2010b). If that is so, then areas of subtidal seagrass are unlikely ever to provide a
suitable refuge for such polychaetes.
The one exception to the epifaunal domination subtidally/infaunal domination inter-
tidally dichotomy referred to above is the unusual epifaunal seagrass asteroid Parvulastra
for which Knysna is a very important area. Although common and widespread as a rocky-
shore species from the south-east Atlantic, across the Indian Ocean, to the south-west
Pacific (GBIF Secretariat 2019), P. exigua is known from seagrass beds at only two sites,
both in the South African Western Cape, Langebaan on the Atlantic coast (Pillay et al.
2010a) and Knysna, where it is not only present but numerous; the same disjunct distri-
bution in South Africa as the eelgrass limpet, Siphonaria compressa (Allanson and Herbert
2005). At Knysna it is abundant only in the lagoonal reach and in some lagoon-like
backwater areas of the marine embayment (see below), but there it occurs both subtidally
and intertidally in densities of[ 1000 m-2. Parvulastra grazes microalgal-rich biofilms
(Jackson et al. 2009; Martinez et al. 2016) and this dependence on a high-light regime may
account for its relative intertidal abundance.
The axial main channel provides the only subtidal habitat within the Knysna estuarine
bay, but it does not support the only intertidal area of seagrass. There is an extensive block
of seagrass-covered mudflats and creeks within the sheltered, saltmarsh-lined eastern half
of the marine embayment, between Thesen and Leisure Islands and the mainland (see Raw
et al. 2020). These seagrass beds support a qualitatively and quantitatively different faunal
assemblage (Barnes 2013a). In the transitional zone between the axial channel and the
system of backwater creeks, Alaba falls to a relatively insignificant 1.6% of faunal indi-
viduals, and whilst the polychaetes Simplisetia, Prionospio and Caulleriella remain
dominant, as does the gastropod Nassarius, whilst the dominant amphipod is here Melita
zeylanica (Barnes and Ellwood 2011; Barnes 2013b) which was not recorded from the
axial channel. Further into the system of creeks and channels, Alaba drops out of the fauna
altogether and, although Simplisetia, Prionospio and Melita remain, the dominant animals
are now the tanaid Halmyrapseudes cooperi and the microgastropods Hydrobia knys-
naensis, ’Assiminea’ capensis and at higher levels ’Assiminea’ globulus, these four dom-
inants together comprising 86% of individuals (Barnes 2010; Barnes and Barnes 2014) and
being largely responsible for the very high intertidal macrofaunal densities of up to more
than 30,000 m-2 (Barnes 2017). The macrofaunal assemblages of relatively marine parts
of the Knysna seagrass system are therefore characterised by (a) highly abundant,
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microgastropod-dominated macrofaunas both subtidally (i.e. by Alaba) and intertidally in
the shallow backwaters (i.e. by Hydrobia and ’Assiminea’), and (b) relatively low abun-
dance but diverse, polychaete-dominated intertidal assemblages elsewhere. There is,
however, very little overlap indeed between the faunas of the sheltered, saltmarsh-enclosed
eastern backwaters and those of the axial channel, and little or no representation of most
intertidal backwater species in the axial subtidal. In this context, it is notable that within the
Knysna seagrass system as a whole the distribution and abundance of the leaf-associated
mesograzers Alaba and Parvulastra are negatively correlated, as are those of Alaba and
Hydrobia, but where they do occur together, as in the backwater creeks and pools, the
numbers of Hydrobia and Parvulastra may be significantly positively associated (data in
Barnes 2010).
The estuarine subtidal at Knysna may be relatively protected from some of the threats
affecting most of the intertidal regions, including harvesting of mudprawns, but the present
results suggest that it does not appear an adequate potential refuge for the other members of
Knysna’s particularly rich intertidal fauna incidentally affected by such threats, except
probably for Alaba in the marine embayment and possibly for Parvulastra in the lagoonal
region. In many respects Knysna appears a typical, open estuary, albeit with a relatively
small freshwater input, supporting a suite of macrobenthic species generally characteristic
of temperate South African estuaries, lagoons and semi-enclosed bays (Schlacher and
Wooldridge 1996; Teske and Wooldridge 2003; Henninger and Froneman 2011; etc.) and a
seagrass fauna of a general taxonomic composition observed much more widely (Barnes
and Hendy 2015b).
Neither is it alone in having a microphytobenthos-grazing population on its seagrass
leaves dominated numerically by a species of the warm-temperate to tropical cerithioid
microgastropod Alaba in that scattered seagrass systems as far apart as in Brazil (Caval-
cante et al. 2019), Singapore (Fong et al. 2018) and tropical Queensland (Bendell 2006)
show the same feature [whereas in other seagrass beds well within Alaba’s climatic range it
is only a minor component (Barnes 2019c)]. Knysna, however, does appear to be the only
known temperate example of the phenomenon, although the related Diffalaba opiniosa can
dominate the epifauna of the alga Codium on temperate rocky shores in New South Wales
(Lutz et al. 2019). Like A. pinnae, other Alaba species also seem to be mainly shallow-
subtidal in nature, often extending upshore into the low intertidal as well (Bendell 2006;
Prozorova et al. 2010). Unfortunately, the Knysna A. pinnae is a poorly known species that
seems endemic to South Africa. It is described as being a ’common’ estuarine gastropod
along southern and eastern shores in the monograph of Kilburn and Rippey (1982), yet
strangely it appears to be missing from published faunal surveys of other South African
estuaries with the exception of the nearby Swartvlei (Whitfield 1988, 1989) and KwaZulu’s
estuarine Lake St Lucia in which Perissinotto et al. (2014) record it as occurring spo-
radically. It is not mentioned at all in works treating the nature of the South African
estuarine fauna, e.g. by Day (1981), De Villiers and Hodgson (1999) or Perissinotto et al.
(2013). This may be because of confusion with Assiminea, a genus widely used as a catch-
all for any South African estuarine microgastropod (Barnes 2017). In spite of the uncer-
tainty associated with A. pinnae, however, there seems little reason to suppose that the
relationship between subtidal and intertidal seagrass assemblages at Knysna is in any
manner aberrant, and what is the case there probably applies equally to other bays and
estuaries. Subtidal seagrass supports its own biodiverse and abundant assemblage of
macrofaunal species, with those that particularly characterise the intertidal zone occurring
at low density and seeming more likely to be ’stragglers’ or incidental members of the
fauna below LWS. It is certainly not an extension of the seagrass system occurring
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intertidally. The only caveat here is that what applies to Zostera-dominated systems may
not be the case in stands of other seagrass genera, in that it has recently been shown in
subtropical Queensland that whereas, all other things being equal, the macrofaunal
assemblages associated with sympatric intertidal Cymodocea serratula, Halodule uninervis
and Halophila ovalis were very similar, all three differed from that supported by adjacent
areas of intertidal Zostera (Zosterella) muelleri (Barnes 2020).
Supplementary data
The data sets generated by this and earlier studies have been lodged in electronic format in
the Rondevlei Office of SANParks Scientific Services (https://dataknp.sanparks.org/
sanparks/metacat/Nerinak.23.11/sanparks) and are available on request.
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